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In Brief
Yetish et al. find that hunter-gatherers/
horticulturalists sleep 6.4 hr/day, 1 hr
more in winter than in summer. Onset is
about 3.3 hr after sunset, and sleep
occurs during the nightly period of falling
temperature. Onset times are irregular,
but offset time is very regular. Little
napping is seen. Light exposure is
maximal in the morning, not at noon.
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How did humans sleep before the modern era?
Because the tools to measure sleep under natural
conditions were developed long after the invention
of the electric devices suspected of delaying and
reducing sleep, we investigated sleep in three prein-
dustrial societies [1–3]. We find that all three show
similar sleep organization, suggesting that they
express core human sleep patterns, most likely char-
acteristic of pre-modern era Homo sapiens. Sleep
periods, the times from onset to offset, averaged
6.9–8.5 hr, with sleep durations of 5.7–7.1 hr,
amounts near the low end of those industrial soci-
eties [4–7]. There was a difference of nearly 1 hr be-
tween summer and winter sleep. Daily variation in
sleep duration was strongly linked to time of onset,
rather than offset. None of these groups began sleep
near sunset, onset occurring, on average, 3.3 hr after
sunset. Awakening was usually before sunrise. The
sleep period consistently occurred during the night-
time period of falling environmental temperature,
was not interrupted by extended periods of waking,
and terminated, with vasoconstriction, near the nadir
of daily ambient temperature. The daily cycle of tem-
perature change, largely eliminated from modern
sleep environments, may be a potent natural regu-
lator of sleep. Light exposure was maximal in the
morning and greatly decreased at noon, indicating
that all three groups seek shade at midday and that
light activation of the suprachiasmatic nucleus
is maximal in the morning. Napping occurred
on <7% of days in winter and <22% of days in sum-
mer. Mimicking aspects of the natural environment
might be effective in treating certain modern sleep
disorders.2862 Current Biology 25, 2862–2868, November 2, 2015 ª2015 ElsevRESULTS
It has been argued that the invention of the electric light, followed
by the development of television, the Internet, and related
technologies, along with increased caffeine usage, has greatly
shortened sleep duration from ‘‘natural’’ levels and disrupted
its evolved timing. The purported reduction in sleep duration
has been linked to obesity, mood disorders, and a host
of other physical and mental illnesses thought to have
increased recently (http://www.healthypeople.gov/2020/topics-
objectives/topic/sleep-health#eight), although complaints about
reduced sleep time in the ‘‘modern world’’ were made at least as
far back as the 1880s [8, 9].
In the current paper, we examine sleep duration, timing, and
relation to natural light, ambient temperature, and seasons in
three preindustrial human societies (Figure 1A). The Hadza
live in northern Tanzania, 2 south of the equator, in wood-
land-savannah habitats around Lake Eyasi. The Hadza in this
study were wholly dependent on hunting and gathering each
day for wild foods. Until the recent past, the Kalahari San
were also nomadic hunter-gatherers. The Ju/’hoansi (Ju/’hoan
language group) San that we studied live in the Den/ui village,
20 south of the equator, are currently not migratory, but they
are isolated from surrounding villages and continue to live as
hunter-gatherers. Genetic studies indicate that the Kalahari
San genome is the most variable of those yet sequenced, being
much more variable within this group than in the descendants
of the small groups that migrated out of Africa to populate
Europe, Asia, and the Americas [2]. The Tsimane, living near
the furthest reaches of the human migration out of Africa, close
to the Maniqui River in Bolivia and 15 south of the equator,
are hunter-horticulturalists. Extensive health studies of the Tsi-
mane have found that although child mortality is higher than in
‘‘modern’’ societies, largely due to infectious diseases, adults
have lower levels of blood pressure and atherosclerosis and
higher levels of physical fitness than industrial populations
[10]. Many live into their 60s, 70s, 80s, and beyond. Similar
health findings have been reported among Hadza [1, 11] and
San [12, 13].ier Ltd All rights reserved
Figure 1. Recording Sites and Representa-
tive Actograms
(A) Location of recording sites (left to right: Tsi-
mane, San, and Hadza).
(B) Representative Actograms from Hadza, Tsi-
mane, and San subjects (the bottom two sets
show the same San participant in summer [upper
set] and winter [lower set]). Sleep onset time is
highly variable and occurred several hours after
sunset in all groups. Awakening time was rela-
tively regular and occurred before sunrise, except
in the San in summer. Napsmay have occurred on
up to 7% of days in winter and up to 22% of days
in summer. Extended periods of nocturnal waking
were rare. Yellow, log plot of light level; red,
1 min intervals with movement; black, number of
movements in each 1 min interval; light blue,
Actogram-scored rest; and dark blue, Actogram-
scored sleep period. Sleep period, defined as the
interval between sleep onset and offset, is greater
than sleep time, defined as the sleep period minus
waking after sleep onset (WASO). Sleep efficiency
(sleep time divided by ‘‘bed’’ time) was between
81% and 86%, similar to that in industrial pop-
ulations. See Table S1).In these societies, electricity and its associated lighting and
entertainment distractions are absent, as are cooling and heat-
ing systems. Individuals are exposed, from birth, to sunlight
and a continuous seasonal and daily variation in temperature
within the thermoneutral range for much of the daylight period,
but above thermoneutral temperatures in the afternoon and
below thermoneutrality at night. By examining three such groups
in two continents over long periods of time, wewere able to eval-
uate common elements and differences that provide insights into
the nature of human sleep under natural conditions.
Sleep Duration
Sleep time in the Hadza, San, and Tsimane groups (Figure 1B)
was similar, between 5.7 and 7.1 hr, with the sleep period
duration (time between sleep onset and offset) of from 6.9 to
8.5 hr (Table S1). Sleep parameters were determined with Acti-
watch-2devices,whichhavebeenextensively validatedwith pol-
ysomnography (Figure 1B; see the Supplemental ExperimentalCurrent Biology 25, 2862–2868, November 2, 2015 ªProcedures). The SD of sleep onset times
exceeded the SD of sleep offset times in
all San individuals (N = 27, p = 7.4E-5,
binomial test) and in all Tsimane individ-
uals (N = 45, p = 2.0E-08), with a similar
trend in the more limited dataset from
the Hadza. Therefore, sleep duration
was much more strongly correlated with
sleep onset time than with sleep offset
time in both summer and winter. Sleep
onset and offset times were very weakly
correlated with each other (Table S1).
BMI
Mean body mass indices (BMIs) of the
three groups were between 18.3 and26.2 (Table S2), with none of the participants having BMIs >30,
in keeping with prior anthropological observations of a lack of
obesity in these populations [11].
Summer versus Winter Durations
The Tsimane and San live far enough south of the equator to
have substantial seasonal changes in day length and tempera-
ture. Tsimane participants recorded in the winter slept 56 min
longer than those in summer (Figure 2A) (t = 2.1, degrees of
freedom [df] = 19, p = 0.05). In the San, we recorded the same
group of 13 participants in winter and summer. Sleep times in
the winter were longer than in the summer by an average of
53 min (Figure 2B and Table S2) (t = 3.7, df = 20, p = 0.001).
Napping
It has long been known that ‘‘modern’’ humans experience an
extended dip in midafternoon alertness, which is not due to
food intake [14, 15]. It has been speculated that under ‘‘natural’’2015 Elsevier Ltd All rights reserved 2863
Figure 2. Seasonal Effects on Sleep
(A) Sleep duration decreased from winter to summer. (Note that the Hadza,
San, and Tsimane live in the southern hemisphere.) The Tsimane data were
from six separate groups recorded over the 4-month period. Each group
consisted of seven to 12 individuals recorded for 7 days. A parallel study in the
San recorded from ten individuals, each for 21 days inMay–June. An additional
five San individuals were recorded for 11 days in August, and 13 of the initial 15
were recorded for 28 days in Jan–February of the next year (two of the original
ten participants had migrated out of Den/ui).
(B) Change in sleep onset and offset times across the seasons. The same San
individuals were sampled for a 28-day period in summer and a 21-day period in
winter (a total of 1,260 sleep onsets and offsets). Note the much later sleep
onset in the summer and the later wake onset in the summer relative to winter,
despite the shorter sleep times. Bin size is 0.4 hr (24 min). The blue vertical line
marks solar noon.conditions, a nap would occur during this period and that this
nap has been suppressed by industrial lifestyles. An automated
Actogram analysis using the Actogram program (see ‘‘Acti-
watch-2 devices’’ in the Supplemental Information) on the data
from the San scored no afternoon naps in 210 days of recording
in the winter. It scored ten naps on 364 days in the summer
(3% of days) (see Table S3). Nocturnal awakenings were also
infrequent (see Table S3). The Actograms of the Tsimane and
Hadza participants showed a similar dearth of potential napping2864 Current Biology 25, 2862–2868, November 2, 2015 ª2015 Elsevand nocturnal waking intervals (Figure 1B). Because Actiwatches
have not been as thoroughly validated against polygraphic
recording for naps as they have for nighttime sleep [4, 16–18],
we conducted a second quantification of naps using visual
scoring of the Actiwatch records to identify periods with motor
activity reduced to levels seen within the nighttime sleep for pe-
riods of 15min or longer.We saw such episodes in only 7%of the
recording afternoons in the San winter data. This should be
considered themaximum incidence of napping, since we cannot
exclude the possibility that some or all of these were waking rest
periods. In the summer, 22% of days had potential naps
(comparing summer and winter frequencies: t = 3.5, df = 25,
p = 0.0007) (Figure 1B). Nap duration using the longer summer
visually scored putative nap periods averaged 32 min. Thus, if
all potential napping time was considered sleep time, it would
raise the average daily sleep duration in summer by 7 min. It re-
mains possible that naps shorter than 15 min occur, but electro-
encephalogram recording would be necessary to identify them.
Insomnia
Since insomnia is a complaint and does not closely correspond
to sleep time [19, 20], we investigated the prevalence of this
complaint in the Tsimane and San groups. At the time of applica-
tion of Actiwatches on the Tsimane, G.Y. and a Tsimane trans-
lator visited the participants in their homes early in the morning
to conduct an interview on fatigue and sleep quality. A similar
interview was done by J.M.S. on the San group. Neither group
has a word for insomnia in their language, so we explained the
concept in terms of sleep onset insomnia and sleepmaintenance
insomnia not due to illness. Five percent of the participants said
they sometimes had sleep onset problems and 9% sometimes
had sleep maintenance problems. Less than one-third of these
participants said that they had these problems regularly, i.e.,
more than once a year (1.5% and 2.5% of the total number of
participants). These numbers are far lower than the 10%–30%
chronic insomnia rate reported in industrial societies [19, 20].
Light
Average sleep onset across groups occurred between 2.5 and
4.4 hr after sunset (mean = 3.3 hr) (Table S2 and Figure 3). At
the latitudes of the participant populations, the duration of eve-
ning andmorning civil twilight ranges from 24–28min. Therefore,
the participants remained awake long after darkness had fallen.
The three groups often had small fires, but the Actiwatch-
measured light levels remained below 5.0 lux (the lower limit of
the Actiwatch-2 sensor) throughout the night (Figure 3). Awak-
ening occurred on average 1 hr before sunrise in the Tsimane
and Hadza, well before civil twilight (Table S2), but awakening
was much closer to sunrise than sleep onset was to sunset.
Awakening was also well before civil twilight in the winter in the
San (Table S2). But in the summer, awakenings in the San partic-
ipants occurred 1 hr after sunrise, on average (t = 2.4, df = 20,
p = 0.02) (Figures 2, 3, and 4). The shorter sleep duration in the
summer was completely a result of later sleep onset, not of
earlier awakening (mean sleep onset time = 22:44 summer
versus 21:16 winter) (t = 5.0, df = 20, p = 6.8E-5]. So, neither
sleep onset nor offset were tightly linked to solar light level. A
striking feature of the light exposure in all three groups was
that it decreased from a maximum level at approximatelyier Ltd All rights reserved
Figure 3. Light and Activity Plots
(A and B) Average light and activity level in plots centered at midnight. Two San participants (T3 and T5) are shown. Both have shorter sleep time in the summer
despite later awakening. Participant data are the average sleep parameters over the summer or winter recording periods. The yellow line indicates subject light
exposure asmeasured by the Actiwatch. Sunset, identifiable by the vertical interrupted black line, is not tightly linked to sleep onset. Interrupted blue bars indicate
sleep periods. The red line at the bottom of each graph plots average of 1 min epochs with (+1) and without (0) activity. Note the maintained and even increased
activity (black) with sunset, location of inactivity linked to sleep at the end of the dark period, awakening before dawn in winter, lack of period of activity within
sleep, and differences between the duration of summer and winter nighttime inactivity period. The durations of these inactivity epochs are used in the algorithm
that identifies sleep (Figure 1). Sleep onset occurs from 2.5 to 4.4 hr after sunset in all of the groups examined (mean = 3.3 hr).
(C) Staying out of themidday sun. Plots are centered at noon. Light levels recorded by the Actiwatch drop steeply and consistently at midday, despite the increase
of the ambient light level frommorning (9 a.m.) to noon levels. The figure shows the average of 60 days of data from the ten Hadza recorded in Tanzania. It shows
the reduction in light exposure during the afternoon; a lack of reduction in afternoon activity to sleep levels, consistent with the lack of regular napping; and the
reduction in activity throughout the sleep period. No regular period of activity was seen in the night, consistent with the lack of a ‘‘second sleep’’ scored by the
algorithm (see also Figure S1).
(D and E) Averaged data across all San recorded in summer and winter. Note the consistent pattern across groups and seasons. Time is local clock time.9 a.m. to a lower level at noon, despite the doubling of ambient
light levels over this period. This occurred in winter as well as
in summer, indicating that all three groups sought shade from
the midday sun (Figure 3).
Temperature
Because we noticed that the Hadza, Tsimane, and San did not
initiate sleep at sunset and that their sleep was confined to the
latter portion of the dark period, we investigated the role of tem-
perature. We found that the nocturnal sleep period in the Hadza
was always initiated during a period of falling ambient tempera-
ture (Figure S1), and we saw a similar pattern in the Tsimane.
Therefore, we precisely measured ambient temperature at the
sleeping sites along with finger temperature and abdominal tem-
perature in our studies of the San [21]. Figures 4 and S1 showCurrent Biology 25, 2862–28that sleep in both the winter and summer occurred during the
period of decreasing ambient temperature and that wake onset
occurred near the nadir of the daily temperature rhythm. A strong
vasoconstriction occurred at wake onset in both summer and
winter (Figures 4 and S2), presumably functioning to aid thermo-
genesis in raising the brain and core temperature for waking
activity. See the Supplemental Experimental Procedures for a
discussion of the use of iButtons to measure vasoconstriction
and vasodilation. The presence of vasoconstriction at awak-
ening indicates that the subjects were not vasoconstricted prior
to awakening.
Among Tsimane, summer wake times were earlier and sleep
onset times were later than in the winter, accounting for their
reduced sleep duration; however, in the San, despite their
shorter sleep duration in the summer, as in the Tsimane, the68, November 2, 2015 ª2015 Elsevier Ltd All rights reserved 2865
Figure 4. Relation of Sleep to Ambient Tem-
perature and Skin Temperature
Sleep offset, averaged across all subjects and all
days, consistently occurs near the nadir of daily
environmental temperature, in both summer (A)
and winter (B). For the San recorded in the sum-
mer, the temperature nadir occurred after sunrise,
as did awakening. In the winter, the nadir occurred
near sunrise with awakening preceding sunrise.
Note that the ambient temperature has a gradual
fall at night and a rapid rise starting at sunrise, with
sleep occurring during the period of slowly falling
temperature. Vasoconstriction is seen upon
awakening in both summer and winter. In the
winter, there are additional vasoconstrictions
occurring during the day. These are most likely
related to food preparation or other similar activ-
ities exposing the hands to cold. Violet lines,
environmental temperature; red lines, abdominal
temperature; and blue lines, finger temperature.
See also Figure S2 for an example of individual
subject data. All temperatures recorded by
iButtons are synchronized to the Actiwatch
time ±2 min. Black bars, night; orange bars,
waking; and blue bars, sleep. Vertical lines at top
of the figures indicate light-dark transitions; those
at bottom indicate sleep-wake transitions. Sleep
measures are the averages of the 15 participants
recorded in the summer and the 13 of these par-
ticipants recorded in winter (see Figure 1 and
Table S1). Red arrows indicate onset of drop in
finger temperature starting near the temperature
nadir, indicative of peripheral vasoconstriction,
serving to warm proximal regions with awakening.
See also Figure S1.time of awakening was significantly later, with the decreased
sleep times being entirely the result of later sleep onset. The
San the participants awakened, on average, 1.0 hr after sunrise
in the summer. The Tsimane awakened 1.4 hr before sunrise
in the summer (Table S2). The 2.4 hr difference in awakening
times, with respect to sunrise, was significant (t = 8.4, df = 22,
p = 1.2E-08). This was not due to differences in day/night length
at the two recording locations. The summer observation period
in the San had 11 hr nights and 13 hr days. The summer obser-
vation period in the Tsimane had 11.1 hr nights and 12.9 hr days.
The difference between the sleep offset times in these two pop-
ulations, despite the similar light conditions, may be due to the
much cooler morning temperatures (by 6C on average) and
the shifting of the temperature nadir into the light period (Figure 4)
in the San’s environment, paralleling the effect of winter on
changes in sleep duration.
DISCUSSION
A striking finding is the uniformity of sleep patterns across
groups despite their ancient geographic isolation from each2866 Current Biology 25, 2862–2868, November 2, 2015 ª2015 Elsevier Ltd All rights reserveother. This suggests that the observed
patterns are not unique to their particular
environmental or cultural conditions but
rather are central to the physiology of hu-
mans living in the tropical latitudes nearthe locations of the San and Hadza groups, where our species
evolved.
In some ways, the sleep in these traditional human groups is
more similar to sleep in industrial societies than has been
assumed. They do not sleepmore thanmost individuals in indus-
trial societies [1, 4–7, 22]. The traditional groups do not regularly
awaken for extended periods in the middle of the night (see the
Supplemental Experimental Procedures), despite anecdotal re-
ports [23]. Sleep is stronglymodulated by the seasons, averaging
53–56 min longer in the winter, coincident with a 1.2 or 2 hr in-
crease in the night duration in the San and Tsimane, respectively
(Table S2 and Figure 2). In contrast, no seasonal effect on sleep
durations has been reported in most studies in industrial soci-
eties. Kleitman [24] summarizes some of the early, conflicting
data on seasonal changes in sleep (p. 192). A recent large-scale
study of seasonal sleep changes reported an 18 min difference
betweensummer andwinter. This study investigatedparticipants
in Berlin (latitude +53), where night duration changes from 7 hr
39 min in summer to 16 hr 21 min in winter) [25]. Of course, the
Berlin participants were not as directly exposed to changes in
light and temperature as were our participants.d
Light has been shown to be a major factor in human sleep
and circadian rhythm control, partially mediated by light’s
effects on the melanopsin system [19, 26–28]. Consistent
with this, we show here that sleep occurs almost entirely
during the dark period in these traditional societies. In contrast,
sleep typically continues well after sunrise in industrial
populations [27]. A recent study has shown a striking difference
in the sleep onset and offset times as a function of light expo-
sure in a comparison of two closely related traditional Argenti-
nian hunter-gatherer populations [26]. Three other studies
showed the rapid regularization of human sleep patterns
created by moving ‘‘modern’’ subjects into more natural lighting
situations [28–30].
Our finding that hunter-gatherers get maximal light exposure
in the morning, rather than at noon, is consistent with behavioral
thermoregulation to avoid afternoon heat. It also may explain the
greater effectiveness of morning light [31, 32] in the reversal of
depression, since such treatments tend to restore the evolved
pattern of human exposure to light.
Of the ten groups we studied, the only group in our study that
awakened after sunrise was the San in the summer. The Tsimane
always arose before dawn. At the end of November to the begin-
ning of December (2 weeks from the summer solstice), they
awakened more than 1 hr 20 min before sunrise, whereas the
San, at approximately the same seasonwith nearly indistinguish-
able seasonal light levels (13 versus 12.9 hr of light), awakened
nearly 1 hr after sunrise. Our data suggest that ambient temper-
ature might be responsible for the difference between these
groups and might be a major determinant of sleep timing and
duration, independent of light level.
Historical evidence suggests that ‘‘until the close of the early
modern era, Western Europeans experienced two major inter-
vals of sleep bridged by up to an hour or more of quiet wakeful-
ness’’ [33] (see also [30]). Our results suggest that the bimodal
sleep pattern that may have existed in Western Europe is not
present in traditional equatorial groups today and, by extension,
was probably not present before humans migrated into Western
Europe. Rather, this pattern may have been a consequence of
longer winter nights in higher latitudes. In this view, the ‘‘recent’’
disappearance of bimodal sleep was not a pathological develop-
ment caused by restricted sleep duration, but rather a return to a
pattern still seen today in the groups we studied, enabled by the
electric lights and temperature control that restored aspects of
natural conditions in the tropical latitudes.
We found that nocturnal sleep in all groups occurred toward
the end of the night, during the period of lowest ambient temper-
atures. In nature, the daily rhythm of environmental temperature
is tightly locked to the rhythm of sunset and sunrise. However, in
most industrial societies, the seasonal and circadian tempera-
ture rhythms are greatly attenuated by insulated buildings and
artificial heating and cooling. The synchronization that we
observed between the reduction in ambient temperature at night
and sleep under traditional conditions, with its associated
decline in core temperature [34], may have evolved to save en-
ergy by reducing the temperature differential between body
and environment and consequent heat loss. Being active during
the late night period of lowest temperatures would be metaboli-
cally costly. Individuals in groups like those we observed may be
less vulnerable to insomnia because they are exposed to a fallingCurrent Biology 25, 2862–28ambient temperature at the time of sleep onset and do not have
to actively shed heat to achieve the body temperature reduction
that accompanies sleep onset [35–37]. The daily reduction in
light is followed by the daily reduction in temperature. The de-
layed melatonin response to darkness is adaptive in facilitating
sleep after darkness [27], bringing the entire sleep period in syn-
chrony with the lowest nighttime temperatures.
Our findings indicate that sleep in industrial societies has
not been reduced below a level that is normal for most of
our species’ evolutionary history. Recreating aspects of the
environments that we observed in preindustrial societies might
have beneficial effects on sleep and insomnia in industrial
populations.
EXPERIMENTAL PROCEDURES
Methods Summary
Institutional review board (IRB) approval for the San studies was obtained
through the IRB of Witwatersrand University in Johannesburg, for the Hadza
through Yale University, and for the Tsimane through the University of New
Mexico. Informed consent in the San was made with the supervision of the
Nyae Nyae Development Foundation of Namibia. Sleep was quantified with
Actiwatch-2 devices worn for 6–28 days. Sleep states were scored by the
Actogram program. We extracted the light and acceleration data and statisti-
cally compared these data with temperature, solar, and seasonal variables.
The San participants wore iButton temperature recorders on themiddle fingers
of both hands and on the abdomen for 4 days at the start of recording periods
in the summer and winter periods. iButton devices were also placed near the
participants’ sleeping sites to accurately measure environmental temperature
and humidity at 4 min intervals. (See the Supplemental Experimental Proce-
dures for details.)
SUPPLEMENTAL INFORMATION
Supplemental Information includes Supplemental Experimental Procedures,
two figures, and four tables and can be found with this article online at
http://dx.doi.org/10.1016/j.cub.2015.09.046.
AUTHOR CONTRIBUTIONS
G.Y., J.M.S., P.M., M.G., and H.K. conceived the study; G.Y. collected the
data in Bolivia; B.W. and H.P. collected the data in Tanzania; J.M.S. and
P.M. collected the data in Namibia; G.Y., C.W., R.M., and J.M.S. analyzed
the data; and all authors assisted in writing the manuscript.
ACKNOWLEDGMENTS
We thank Oma Tsamkgao for translation, assistance with the Actiwatch, and
iButton application, and various associated tasks; Adhil Bhagwandin, Leigh-
Anne Dell, and Josh Davimes for assistance with setup of studies in Namibia;
Alfredo Maito Nosa and Basilio Vie Tayo for translation, long hours of hard
work, and comprehensive field guidance in Bolivia; Keng-Tee Chew and
Ming-Fung Wu for help with data analysis; Eus Van Someren for advice on
the use of iButtons; and Craig Heller for advice on ambient temperature
recording. J.M.S. was supported by MH064109 and DA034748. M.G., H.K.,
and G.Y. were supported by NIH/NIA grant no. R01AG024119. P.R.M. was
supported by funding from the National Research Foundation of South Africa.
B.W. received support from the National Science Foundation grant no.
1062879. An abstract of this work was submitted to the World Federation of
Sleep Research Societies meeting on April 6, 2015.
Received: August 5, 2015
Revised: September 1, 2015
Accepted: September 18, 2015
Published: October 15, 201568, November 2, 2015 ª2015 Elsevier Ltd All rights reserved 2867
REFERENCES
1. Marlowe, F. (2010). The Hadza Hunter-Gatherers of Tanzania (University of
California Press).
2. Schuster, S.C., Miller, W., Ratan, A., Tomsho, L.P., Giardine, B., Kasson,
L.R., Harris, R.S., Petersen, D.C., Zhao, F., Qi, J., et al. (2010). Complete
Khoisan and Bantu genomes from southern Africa. Nature 463, 943–947.
3. Vasunilashorn, S., Crimmins, E.M., Kim, J.K., Winking, J., Gurven, M.,
Kaplan, H., and Finch, C.E. (2010). Blood lipids, infection, and inflamma-
tory markers in the Tsimane of Bolivia. Am. J. Hum. Biol. 22, 731–740.
4. Blackwell, T., Ancoli-Israel, S., Redline, S., and Stone, K.L.; Osteoporotic
Fractures in Men (MrOS) Study Group (2011). Factors that may influence
the classification of sleep-wake by wrist actigraphy: the MrOS Sleep
Study. J. Clin. Sleep Med. 7, 357–367.
5. Heeren, M., Sojref, F., Schuppner, R., Worthmann, H., Pflugrad, H., Tryc,
A.B., Pasedag, T., and Weissenborn, K. (2014). Active at night, sleepy all
day–sleep disturbances in patients with hepatitis C virus infection.
J. Hepatol. 60, 732–740.
6. Natale, V., Le´ger, D., Martoni, M., Bayon, V., and Erbacci, A. (2014). The
role of actigraphy in the assessment of primary insomnia: a retrospective
study. Sleep Med. 15, 111–115.
7. Robillard, R., Naismith, S.L., Smith, K.L., Rogers, N.L., White, D.,
Terpening, Z., Ip, T.K., Hermens, D.F., Whitwell, B., Scott, E.M., and
Hickie, I.B. (2014). Sleep-wake cycle in young and older persons with a
lifetime history of mood disorders. PLoS ONE 9, e87763.
8. Horne, J.A. (2007). Sleepfaring: The Secrets and Science of a Good
Night’s Sleep (Oxford University Press).
9. Horne, J. (2011). The end of sleep: ‘sleep debt’ versus biological adapta-
tion of human sleep to waking needs. Biol. Psychol. 87, 1–14.
10. Gurven, M., Kaplan, H., Winking, J., Eid Rodriguez, D., Vasunilashorn, S.,
Kim, J.K., Finch, C., and Crimmins, E. (2009). Inflammation and infection
do not promote arterial aging and cardiovascular disease risk factors
among lean horticulturalists. PLoS ONE 4, e6590.
11. Pontzer, H., Raichlen, D.A., Wood, B.M., Mabulla, A.Z., Racette, S.B., and
Marlowe, F.W. (2012). Hunter-gatherer energetics and human obesity.
PLoS ONE 7, e40503.
12. Kirchengast, S. (2000). Differential reproductive success and body size in!
Kung San people from northern Namibia. Coll. Antropol. 24, 121–132.
13. Fernandes-Costa, F.J., Marshall, J., Ritchie, C., van Tonder, S.V., Dunn,
D.S., Jenkins, T., and Metz, J. (1984). Transition from a hunter-gatherer
to a settled lifestyle in the! Kung San: effect on iron, folate, and vitamin
B12 nutrition. Am. J. Clin. Nutr. 40, 1295–1303.
14. Carskadon, M.A., and Dement, W.C. (2005). Normal human sleep. In
Principles and Practice of Sleep Medicine, M.H. Kryger, T. Roth, and
W.C. Dement, eds. (W.B. Saunders), pp. 13–23.
15. Roehrs, T., Carskadon, M., Dement, W., and Roth, T. (2011). Daytime
sleepiness and alertness. In Principles and Practice of Sleep Medicine,
M. Kryger, T. Roth, and W. Dement, eds. (Elsevier, Saunders), pp. 42–53.
16. Basner, M., Dinges, D.F., Mollicone, D.J., Savelev, I., Ecker, A.J., Di
Antonio, A., Jones, C.W., Hyder, E.C., Kan, K., Morukov, B.V., and
Sutton, J.P. (2014). Psychological and behavioral changes during confine-
ment in a 520-day simulated interplanetary mission to mars. PLoS ONE 9,
e93298.
17. Basner, M., Dinges, D.F., Mollicone, D., Ecker, A., Jones, C.W., Hyder,
E.C., Di Antonio, A., Savelev, I., Kan, K., Goel, N., et al. (2013). Mars
520-d mission simulation reveals protracted crew hypokinesis and alter-
ations of sleep duration and timing. Proc. Natl. Acad. Sci. USA 110,
2635–2640.
18. Kanady, J.C., Drummond, S.P., and Mednick, S.C. (2011). Actigraphic
assessment of a polysomnographic-recorded nap: a validation study.
J. Sleep Res. 20, 214–222.2868 Current Biology 25, 2862–2868, November 2, 2015 ª2015 Elsev19. Buysse, D.J. (2013). Insomnia. JAMA 309, 706–716.
20. Roth, T. (2007). Insomnia: definition, prevalence, etiology, and conse-
quences. J. Clin. Sleep Med. 3 (5, Suppl), S7–S10.
21. Romeijn, N., Raymann, R.J., Møst, E., Te Lindert, B., Van Der Meijden,
W.P., Fronczek, R., Gomez-Herrero, G., and Van Someren, E.J. (2012).
Sleep, vigilance, and thermosensitivity. Pflugers Arch. 463, 169–176.
22. Evans, D.S., Snitker, S., Wu, S.H., Mody, A., Njajou, O.T., Perlis, M.L.,
Gehrman, P.R., Shuldiner, A.R., and Hsueh, W.C. (2011). Habitual sleep/
wake patterns in the Old Order Amish: heritability and association with
non-genetic factors. Sleep 34, 661–669.
23. Worthman, C.M. (2008). After dark: the evolutionary ecology of human
sleep. In Evolutionary Medicine and Health, W.R. Trevathan, E.O. Smith,
and J.J. McKenna, eds. (Oxford University Press), pp. 291–313.
24. Kleitman, N. (1963). Sleep andWakefulness (University of Chicago Press).
25. Lehnkering, H., and Siegmund, R. (2007). Influence of chronotype, season,
and sex of subject on sleep behavior of young adults. Chronobiol. Int. 24,
875–888.
26. de la Iglesia, H.O., Ferna´ndez-Duque, E., Golombek, D.A., Lanza, N.,
Duffy, J.F., Czeisler, C.A., and Valeggia, C.R. (2015). Access to Electric
light is associatedwith shorter sleep duration in a traditionally hunter-gath-
erer community. J. Biol. Rhythms 30, 342–350.
27. Santhi, N., Thorne, H.C., van der Veen, D.R., Johnsen, S., Mills, S.L.,
Hommes, V., Schlangen, L.J.M., Archer, S.N., and Dijk, D.J. (2012). The
spectral composition of evening light and individual differences in the sup-
pression of melatonin and delay of sleep in humans. J. Pineal Res. 53,
47–59.
28. Wright, K.P., Jr., McHill, A.W., Birks, B.R., Griffin, B.R., Rusterholz, T., and
Chinoy, E.D. (2013). Entrainment of the human circadian clock to the nat-
ural light-dark cycle. Curr. Biol. 23, 1554–1558.
29. Piosczyk, H., Landmann, N., Holz, J., Feige, B., Riemann, D., Nissen, C.,
and Voderholzer, U. (2014). Prolonged sleep under Stone Age conditions.
J. Clin. Sleep Med. 10, 719–722.
30. Wehr, T.A., Aeschbach, D., and Duncan, W.C., Jr. (2001). Evidence for a
biological dawn and dusk in the human circadian timing system.
J. Physiol. 535, 937–951.
31. Kripke, D.F., Elliott, J.A., Welsh, D.K., and Youngstedt, S.D. (2015).
Photoperiodic and circadian bifurcation theories of depression andmania.
F1000Res. 4, 107.
32. Uzoma, H.N., Reeves, G.M., Langenberg, P., Khabazghazvini, B., Balis,
T.G., Johnson, M.A., Sleemi, A., Scrandis, D.A., Zimmerman, S.A.,
Vaswani, D., et al. (2015). Light treatment for seasonal Winter depression
in African-American vs Caucasian outpatients. World J. Psychiatry 5,
138–146.
33. Ekirch, A. (2005). At Day’s Close, Night in Times Past (W.W. Norton and
Company).
34. Kra¨uchi, K. (2007). The thermophysiological cascade leading to sleep initi-
ation in relation to phase of entrainment. Sleep Med. Rev. 11, 439–451.
35. Fronczek, R., Overeem, S., Lammers, G.J., van Dijk, J.G., and Van
Someren, E.J. (2006). Altered skin-temperature regulation in narcolepsy
relates to sleep propensity. Sleep 29, 1444–1449.
36. Raymann, R.J.E.M., Swaab, D.F., and Van Someren, E.J.W. (2008). Skin
deep: enhanced sleep depth by cutaneous temperature manipulation.
Brain 131, 500–513.
37. Van De Werken, M., Gime´nez, M.C., De Vries, B., Beersma, D.G., Van
Someren, E.J., and Gordijn, M.C. (2010). Effects of artificial dawn on sleep
inertia, skin temperature, and the awakening cortisol response. J. Sleep
Res. 19, 425–435.ier Ltd All rights reserved
